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Abstract
Based on the isometric hypothesis, belowground plant biomass (MB) should scale isometrically with aboveground biomass
(MA) and the scaling exponent should not vary with environmental factors. We tested this hypothesis using a large forest
biomass database collected in China. Allometric scaling functions relating MB and MA were developed for the entire
database and for different groups based on tree age, diameter at breast height, height, latitude, longitude or elevation. To
investigate whether the scaling exponent is independent of these biotic and abiotic factors, we analyzed the relationship
between the scaling exponent and these factors. Overall MB was significantly related to MA with a scaling exponent of 0.964.
The scaling exponent of the allometric function did not vary with tree age, density, latitude, or longitude, but varied with
diameter at breast height, height, and elevation. The mean of the scaling exponent over all groups was 0.986. Among 57
scaling relationships developed, 26 of the scaling exponents were not significantly different from 1. Our results generally
support the isometric hypothesis. MB scaled near isometrically with MA and the scaling exponent did not vary with tree age,
density, latitude, or longitude, but increased with tree size and elevation. While fitting a single allometric scaling relationship
may be adequate, the estimation of MB from MA could be improved with size-specific scaling relationships.
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Introduction
Forest biomass plays an important role in estimating forest
productivity, carbon sequestration, and in sustainable forest
management [1–8]. The partitioning of belowground biomass
(MB) with respect to aboveground biomass (MA) influences both
the structure and function of individual plants and of vegetation
ecosystems [9–14]. As an important variable, biomass partitioning
has been incorporated into terrestrial ecosystem models [15–18].
However, the influences of environmental factors and biotic
factors on biomass partitioning have not been well investigated
[11,14].
Biomass partitioning can be described as a ratio of MB to MA
(mass below ground to mass above ground, i.e. root:shoot ratio) or
by using the allometric scaling function relating MB and MA:
MB= a MA
b, where a is a normalizing scaling constant and b
represents an allometric scaling exponent [12,14,19,20]. Previous
studies have demonstrated that MA scales nearly isometrically with
respect to MB (i.e. the scaling exponent b is 1, known as the
isometric hypothesis) [12,21,22]. This isometry is derived from an
analytical approach and related to how plants partition their
annual total body mass into different components [12,21,23].
Basically, the isometric model states that leaf biomass (ML) scales
as the L power of stem biomass (MS), and MS scales as the L
power of root biomass (MR) [12,24]. Thus, MA=ML+M-
S= a1MS
3/4+ a2MR3/4 = (a2/a1)3/4MR+a2MR3/4. If (a2/a1)3/
4..a2, MA scales isometrically with respect to MB (MB=MR).
The isometric hypothesis has been tested empirically and validated
at individual and forest community levels [9,12,14,25,26]. For
example, Niklas [10] reported that MA scales as the 1.06 (95% CI
1.05,1.08) power of MB across 257 plant species. Similarly, Yang
& Luo [14] found that the scaling exponent did not differ from 1
using biomass data measured during stand development in 112
forest stands.
The isometric hypothesis has also been disputed in several
studies. For example, Li et al. [27] found that scaling exponents
varied for various scaling relationships among the 17 major forest
types in China. As a result, they claim that there is no universal
scaling relationship. The influence of environmental factors on the
relationship was not investigated in this study. Other studies found
that different regression methods may also contribute to differ-
ences in scaling exponent estimation [11,27,28]. The concept of a
universal scaling exponent may have been misinterpreted, as
scaling exponents vary due to changes in allometric constants
related to ontogeny and to differences among species or ecological
settings [12,21,24]. In addition, many local scale studies found that
biomass partitioning varies with stand age, height, soil moisture
and fertility, and climate factors [29–32]. For example, relative
allocation to root production is expected to be greater in arid than
mesic environments. However, the influence of abiotic factors
associated with latitude and longitude and biotic factors such as
plant age and height on the relationship between MA and MB at
large spatial scales has not been systematically investigated.
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In this study, we analyzed a large forest biomass database to
develop large-scale biomass partitioning patterns and identify
influencing factors. The database includes branch, stem, leaf and
root biomass, and other derivative information such as altitude,
longitude, and elevation, covering a wide range of forests in China.
Understanding the pattern and variation of biomass partitioning
among age groups, tree sizes, locations, and taxonomic groups
could have important implication on terrestrial ecosystem
modeling. So far, most ecosystem models only consider biomass
partitioning as a constant and the effects of these influencing
factors on biomass partitioning have not been incorporated into
terrestrial ecosystem models [16,18,33].
The overall aim of this study was to test whether the root:shoot
ratio and scaling exponent of the allometric function vary with tree
age, diameter at breast height, height, density, latitude, longitude,
elevation and family. We hypothesized that: 1) As tree age and size
increase, the root:shoot ratio and scaling exponent should
decrease, as more biomass accumulates aboveground than
belowground as trees age. Thus, ontogeny and biotic factors (i.e.
tree age and size) may influence the allometric scaling relationship;
2) Conditions are drier and colder in western than eastern China,
therefore the root:shoot ratio and coefficient of the scaling
relationship between root and shoot biomass will decrease from
west to east. Since latitude, longitude and elevation may influence
precipitation and temperature, we expect that biomass partitioning
will vary with these factors. To test these hypotheses, we
specifically tended to (1) estimate the mean and variation of the
root:shoot ratio in forest ecosystems in China; (2) develop an
overall relationship between MB and MA using a power function;
(3) investigate whether the relationship varies with biotic factors
(i.e. tree age, size, and density) and abiotic factors (i.e. latitude,
longitude and elevation); 4) evaluate the influences of regression
methods on the scaling exponent and constant estimation; and 5)




This study was based on a forest biomass database that includes
data collected from journal publications and reports. Thus, no
specific permissions were required for this study. The field studies
did not involve endangered or protected species. Data will be
made available upon request.
Forest Biomass Database
The database and the management system were constructed by
Dr. Hai Ren and his colleagues at the South China Botanical
Garden, Chinese Academy of Sciences, Guangzhou, China. Data
were collected from journal publications and the China Forestry
Inventory Reports up to 2007 (Fig. 1). In brief, this database
includes 6,153 records of 550 species belonging to 75 families. The
15 families with more than 30 records each are listed in Table 1.
Taxodiaceae and Pinaceae are the two most abundant families.
Figure 1. Map of sampling sites of data used in this study.
doi:10.1371/journal.pone.0086550.g001
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There are 4824 evergreen trees and 1303 deciduous trees, 3276
gymnosperms and 2780 angiosperms, 4370 natural trees and 1698
planted trees. Each record in the database includes the site name,
source of reference, latitude, longitude, elevation, forest origin
(natural or planted), dominant species, family, leaf form (evergreen
or deciduous), phylogeny type (gymnosperm or angiosperms; dicot
or monocot if angiosperm), tree age, height, DBH, density of trees,
leaf, stem, branch, root biomass and productivity. MA was
calculated as total biomass of leaf, stem and branch biomass.
MB was root biomass. This large database provides a unique
opportunity to evaluate the relationship of productivity and
biomass in Chinese forests [8] and biomass partitioning between
belowground and aboveground biomass.
Biomass measurements were conducted mostly using the
‘‘standard tree’’ method [8,34,35]. As described in Hui et al. [8],
first, quadrats were set for each site before sampling [8]. For
plantations, more than eight 10 m610 m plots were established.
For natural forests, at least twenty 10 m610 m plots were
established. Height and DBH of each individual tree and the
total number of individuals in each plot were recorded. Second,
five to seven standard trees for each species within a plot were
selected for cutting and weighing of their component parts (stems,
branches and leaves). The tree selection was based on the height
and DBH measured above. Three mean size individuals, one or
two smaller trees, and one or two bigger trees were selected. The
stems, branches and leaves of the selected trees were weighed
respectively. The coarse roots of the tree were dug, washed,
separated into different root sizes based on root diameter, and
weighed for fresh biomass. A sample taken from each root size was
dried and weighed, and used for fresh to dry weight conversion.
Total coarse biomass was estimated by adding weights of all root
sizes. The fine roots were sampled using the soil block sampling
method. Around each standard tree, two circles were drawn: one
at a distance of that tree’s canopy size and another at half of the
canopy distance. Four soil cores (3–5 cm in diameter) were taken
at four directions on each circle around the stump (for a total of
eight cores per tree) at different depths based on tree species, but
mostly to 50 cm or deeper. Fine roots in the soil cores were
Table 1. Biomass (t ha21), root:shoot ratio, and allometric scaling relationship by families, phylogeny groups and forest types.
Functional Group n Biomass and ratio Allometric scaling model
Below- ground Above- ground R:S Ratio a b r2
All data 6153 18.47 77.12 0.20 0.273 0.964 0.928
Families
Taxodiaceae 1562 23.80 100.97 0.19 0.219 1.017 0.938
Pinaceae 1517 14.96 68.88 0.18 0.195 1.018 0.782
Fabaceae 755 21.19 84.11 0.21 0.272 0.978 0.946
Betulaceae 345 10.51 34.70 0.24 0.348 0.968 0.971
Salicaceae 349 20.07 73.05 0.22 0.241 1.015 0.804
Cupressaceae 131 10.09 53.05 0.16 0.159 1.033 0.949
Lauracea 78 10.73 53.28 0.20 0.303 0.905 0.969
Aceraceae 77 4.21 24.15 0.24 0.341 0.849* 0.957
Ulmaceae 55 8.75 29.07 0.29 0.450 0.912 0.948
Myrtaceae 51 16.92 72.31 0.20 0.237 1.003 0.941
Rosaceae 46 10.30 36.14 0.25 0.330 0.966 0.961
Theaceae 45 14.77 77.26 0.19 0.263 0.945 0.983
Tiliaceae 35 8.37 38.19 0.22 0.344 0.895 0.979
Hamamelidaceae 35 7.09 22.42 0.26 0.401 0.902 0.938
Fabacea 33 22.72 99.42 0.22 0.385 0.889 0.963
Leaf forms
Evergreen forest 4767 19.23 81.66 0.19 0.231 0.997 0.925
Deciduous forests 1276 15.48 59.18 0.24 0.365 0.924* 0.938
Phylogenetic groups
Gymnosperms 3235 19.52 84.96 0.19 0.191 1.038* 0.889
Angiosperms and gymnosperms mixed 95 22.21 97.99 0.21 0.518 0.808 0.888
Angiosperms 2738 17.12 67.14 0.22 0.314 0.946 0.948
Dicots 2798 17.357 68.52 0.22 0.316 0.944 0.948
Monocots 41 17.238 55.76 0.25 0.334 0.990 0.937
Forest origins
Nature 4370 18.93 76.06 0.21 0.286 0.962 0.941
Planted 1698 17.33 79.86 0.18 0.191 1.029 0.818
n is sample size;
*indicates significantly different from 1.
doi:10.1371/journal.pone.0086550.t001
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washed, dried and weighed to estimate the total fine roots. Some of
the stems, branches, and leaves of standard trees were taken back
to the laboratory, dried, and used for calculation of the
relationship between dry and fresh weights. Total biomass per
plot was then computed using total tree numbers. The biomass
was either measured directly by harvesting standing vegetation or
estimated using the regression techniques considering DBH and/
or height [8,10,36–39]. The estimation of biomass at site level
from some sites might not influence the overall relationship we
developed at the regional level.
Statistical Analysis
An allometric scaling model (i.e. power function: MB= aMA
b)
was applied to develop the relationship between MB and MA.
Several methods have been used for model parameter estimation
and the pros and cons of the methods have been discussed
[10,28,40,41]. Reduced major axis (RMA) analysis, which
estimates model parameters using a Model Type II linear
regression analysis based on log-log transformed data, is the most
common method applied in the literature [10,21,40,42,43]. To
facilitate the comparison of model parameters with other studies,
we estimated the scaling exponents and constants using RMA
Figure 2. Relationships between aboveground biomass and tree age (a), diameter at breast height (DBH, b), height (c), density (d),
latitude (e), longitude (f), and elevation (g). The model with the best fit among the linear, quadratic and power function models is presented. *
significant at a=0.05 level, ** significant at a=0.01 level. Error bars are too small to be shown.
doi:10.1371/journal.pone.0086550.g002
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regression. After a log transformation, the power function was
linearized and the scaling exponent b was the slope in the log-log
linear regression model. We also evaluated the influence of
regression methods including major axis regression (MAR), linear
regression on log-log transformed data (LSR), and nonlinear
regression (NLR) on scaling exponent and constant estimation
[40].
To investigate the influence of tree age, size and geographical
location on the relationship between MB and MA, we split the
entire database into 8 groups for each factor, each with a similar
sample size, following Hui et al. [8]. We first determined the 12.5,
25, 37.5, 50, 62.5, 75, and 87.5 percentiles for each factor and
grouped observations into 8 groups. For example, the correspond-
ing ages for the percentiles above were 15, 20, 28, 35, 47, 60, and
110 years, respectively. Group 1 included 804 trees with tree age
younger than or equal to 15 yr. Group 2 included 756 trees with
ages older than 15 yr, but younger than or equal to 20 yr.
Similarly, group 8 included 730 trees with age older than 110 yr.
The same sub-sampling procedure was applied to DBH, tree
height, tree density and location (i.e. latitude, longitude, and
elevation). We calculated mean values for MB, MA and root-shoot
ratio, and the corresponding group variables (age, size, or location)
for each group [8]. The relationships between MA, MB, and root-
Figure 3. Relationships between belowground biomass and tree age (a), diameter at breast height (DBH, b), height (c), density (d),
latitude (e), longitude (f), and elevation (g). The model with the best fit among the linear, quadratic and power function models is presented. **
significant at a=0.01 level. Error bars are too small to be shown.
doi:10.1371/journal.pone.0086550.g003
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shoot ratio with group variables were developed for each
subdivision of the data (Figs. 2, 3 and 4).
The relationship between MB and MA for the entire database
and for each age, size, or geographical location group was
developed using the allometric scaling model as described above.
We further constructed the relationship of the scaling exponent
and allometric constant with mean age, size, density, latitude,
longitude, and elevation by fitting the best of a linear, quadratic or
power function equation based on the coefficient of determination
[8]. In addition, we conducted phylogenic analyses on the
allometric scaling relationships across families, phylogeny, leaf
forms, and forest origins. All data analyses were performed using
SAS (Version 9.1, SAS Inc., Cary, NC) [44].
Results
Influences of Biotic and Abiotic Factors on MA, MB, and
Root:Shoot Ratio
MA linearly increased with tree age, DBH and height, but
showed no significant relationship with density (Fig. 2). MA tended
to decline with increasing latitude and longitude, due to decreases
Figure 4. Relationships between ratio of belowground biomass (root) to aboveground (shoot) biomass and tree age (a), diameter at
breast height (DBH, b), height (c), density (d), latitude (e), longitude (f), and elevation (g). The model with the best fit among linear,
quadratic and power function models is presented. * significant at a= 0.05 level, ** significant at a= 0.01 level. Error bars are standard errors of the
ratios.
doi:10.1371/journal.pone.0086550.g004
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in temperature and precipitation, but increased significantly with
elevation. MB showed very similar patterns to MA (Fig. 3).
The overall root:shoot ratio was 0.20260.00087 and ranged
from 0.188 to 0.218 in age, 0.182 to 0.254 in DBH, 0.189 to 0.234
in height, 0.192 to 0.223 in density, 0.173 to 0.224 in latitude,
0.173 to 0.221 in longitude, and 0.195 to 0.213 in elevation group.
There were no significant relationships between root:shoot ratio
and tree age or density. The ratio decreased with DBH and height,
reached low values and increased again, following quadratic
equations (Fig. 4). Root:shoot ratio increased with latitude, but not
with longitude or elevation.
Influences of Biotic and Abiotic Factors on the Scaling
Exponent
Overall MB was significantly related to MA following a scaling
function with a scaling exponent of 0.964 (Fig. 5). To investigate
the influences of the biotic (i.e. tree age, size and density) and
abiotic factors (i.e. latitude, longitude, and elevation) on the
relationships between MB and MA, power functions for each age,
DBH, height, density, latitude, longitude, and elevation group
were developed. All 56 equations (one estimate for each of eight
subdivisions of the data classified by seven abiotic and biotic
factors) were significant at a =0.05 level. For example, MB scaled
isometrically with MA within all 8 age groups (Fig. 6). The mean
value of the coefficient of determination (r2) for the power
functions was 0.903 with a range from 0.731 to 0.968. The scaling
components varied slightly among age groups. The scaling
exponent was 0.96460.0040 (Table 2). Among different groups,
the scaling exponent also varied slightly from 0.900 to 1.112 with a
mean value of 0.986. Twenty six out of 57 scaling exponents did
not differ significantly from 1 (the value predicted by the isometric
hypothesis) at a=0.05. At a=0.01, 37 estimates of the scaling
exponent did not differ from 1.
The scaling exponent showed significant relationships with tree
size, but not with tree age or density (Fig. 7). It increased linearly
with DBH and height, and showed trends of increase with age and
density. The scaling exponent also increased with elevation, but
not with latitude or longitude.
Influences of Biotic and Abiotic Factors on the Scaling
Constant
The scaling constant was 0.274 for all data combined. It varied
from 0.143 to 0.352 among different groups with a mean value of
0.252 for all groups. Mean scaling constant varied slightly among
different groups, with the lowest value for density and largest one
for elevation. The scaling constant showed significant relationships
with tree size, but not with any other factors (Fig. 8). It decreased
linearly with DBH and height, but did not change with latitude
and longitude. There were trends of decrease in the scaling
constant with tree age, density, and elevation.
Influences of Regression Methods on the Scaling
Exponent and Constant
Compared to RMA, MAR produced very similar estimates of
the scaling components (Table 2). The mean value of all scaling
exponents from MAR was 0.986 with 34 and 42 of the 57 scaling
exponents not significantly different from 1 at a=0.05 and 0.01
levels, respectively. LSR produced lower scaling exponents, and
higher scaling constants, compared to RMA. NLR produced
similar exponents when weighted NLR was used with a weighting
factor of 1/M3/4 [40], but estimated higher scaling constants than
RMA. The choice of weight factor had a large influence on the
scaling exponent estimation. Overall, different regression methods
produced similar scaling exponents, but LSR and NLS generated
larger scaling constants than RMA and MAR.
Influences of Phylogeny and Forest Types on Root:Shoot
Ratio, the Scaling Exponent and Constant
We also separated the database into different groups based on
family membership, leaf form, forest origin, and phylogenetic
groups: gymnosperms versus angiosperms or dicots versus
monocots. We calculated mean belowground biomass, above-
ground biomass, root:shoot ratio, and estimated the allometric
scaling model for each group using RMA (Table 1). Among the 15
most abundant families, there were large variations in mean
belowground and aboveground biomass. Aceraceae had the lowest
mean belowground biomass while Taxodiaceae had the largest.
For aboveground biomass, Taxodiaceae also had the highest mean
but Hamamelidaceae had the lowest mean. Root:shoot ratio
varied from 0.16 in Cupressaceae to 0.29 in Ulmaceae with most
values in the range of 0.19 to 0.24. Root:shoot ratio was smaller
for evergreens (0.19) than deciduous (0.24) trees, but similar
between natural (0.21) and planted forests (0.18), between
gymnosperms (0.19) and angiosperms (0.22), and between
monocots and dicots (Table 1).
For all groups, significant allometric scaling models were fit
(Table 1). Of the 15 most abundant families, the scaling exponent
varied slightly from 0.849 in Aceraceae to 1.033 in Cupressaceae.
Only one scaling exponent was significantly different from 1. The
scaling exponent for deciduous forests was smaller than that for
evergreen forests and significantly different from 1. Gymnosperms
had a slightly higher scaling exponent than angiosperms. Natural
forests had a lower scaling exponent than 1, but planted forests
had a scaling exponent close to 1.
Discussion
We calculated root:shoot ratio and developed the allometric
scaling relationship between MB and MA using a large database of
forest biomass in China. Whether or not either the ratio or the
scaling exponent and constants varied with tree age, size, density,
latitude, longitude, elevation, and phylogeny was tested by
Figure 5. Relationship between belowground biomass and
aboveground biomass of forests in China. The model is estimated
using reduced major axis regression method (n = 6153). ** significant at
a= 0.01 level.
doi:10.1371/journal.pone.0086550.g005
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subdividing the data. We found that the root:shoot ratio did not
change with age, tree density, longitude or elevation, but
decreased with tree size and increased with elevation (Fig. 4).
Little variation in root:shoot ratio was observed among families,
forest origins, and other forest type groups (Table 1). In general,
MB scaled isometrically with MA in Chinese forest ecosystems. The
scaling exponents did not vary with tree age, density, latitude, or
longitude, but linearly increased with DBH, height and elevation
(Fig. 7), partially supporting our hypotheses. The mean of scaling
exponents of all groups was 0.986 with a small range of 0.964 to
1.015, close to the value of 1 predicted by the isometric hypothesis.
Different regression methods produced similar scaling exponents,
but different scaling constants. These results demonstrate that
biotic and abiotic factors may have limited influence on the scaling
exponent. Considering tree size and elevation, however, may
improve the estimation of MB from MA.
Figure 6. Relationships between belowground biomass and aboveground biomass for different age groups. a: age,= 15; b:
15,age,=20; c: 20,age,= 28; d: 28,age,= 35; e: 35,age ,= 47; f: 47,age ,= 60; g: 60,age ,=110; h: age.110. The model was fit using
reduced major axis regression method. ** significant at a= 0.01 level.
doi:10.1371/journal.pone.0086550.g006
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Root:shoot ratio has been commonly used as an indicator for
the relative partition between belowground and aboveground
biomass [45–47]. Root:shoot ratios for forest ecosystems have been
estimated in several previous studies [29,32,48]. For example,
Cairns et al. [29] reported that the root:shoot ratio varies from
0.05 to 0.70, with a mean value of 0.26 and the tendency of values
to be between 0.20 and 0.30, using a database of 165 records
collected from literature. Wang et al. [47] reported that the
root:shoot ratio ranges between 0.09 and 0.67 with a mean of 0.27
using a database of 515 records of forest biomass in northeast
China. Using a larger database of 649 paired above- and below-
ground data, Luo et al. [49] recently reported that root:shoot ratio
varied from 0.070 to 0.730, with a mean of 0.233. Our estimation
of the root:shoot ratio of forests in China was 0.20260.00087, a
value toward the low end of both Wang et al. [47] and Luo et al.’s
[49] ranges. In addition, there was much less variation in the ratios
estimated by us compared to those estimated in the earlier studies
of Chinese forests.
Our results supported our hypotheses on DBH, height and
latitude influences, but not on age, longitude, and elevation.
Whether the root:shoot ratio varies with age and other variables
has been controversial. For example, the root:shoot ratio has been
reported to decrease with stand age across forests and woodlands
[32] and in northeastern China [47]. Mokany et al. [32] reported
that the root:shoot ratio was negatively related to forest stand age,
height, shoot biomass, precipitation, and temperature. The ratio
did not vary with tree age in our study (Fig. 4), which disagrees
with Mokany et al.’s [32] results, but agrees with the results
reported by Cairns et al. [29] and Yang & Luo [14]. Cairns et al.
[29] found that the ratio does not vary with tree age, type,
temperature, or precipitation. The constancy of the root:shoot
ratio in forests of different age has been attributed to different
biomass partitioning patterns among individual tree species and
nutrient availability changes over the normal age sequence [14].
Luo et al. [49] reported significant yet weak negative relationships
of root:shoot ratio with mean annual temperature and precipita-
tion (r2 = 0.08 and 0.13, respectively). Our results also showed that
the root:shoot ratio initially declined with DBH and height, which
supports the findings by Mokany et al. [32] and Wang et al. [47].
The relationships of root:shoot ratio with DBH or height that they
developed are significant but weak. Using binned data in this
study, we revealed clearer patterns (Fig. 4). The decline of the
root:shoot ratio with DBH and height might be a result of plant
ontogeny, related to the accumulation of MA in woody tissue as
stands develop [32,47]. The root:shoot ratio also increased with
latitude, as trees allocated more carbon to the belowground in the
cold and dry high latitude regions than in the warm and wet low
latitude regions.
Another finding of this study was that MB scaled isometrically or
near isometrically with MA in Chinese forest ecosystems, consistent
with the prediction of the isometric hypothesis. The mean of
scaling exponents of all groups was 0.986 with a small range of
0.964 to 1.015, close to 1 predicted by the isometric hypothesis.
The 95% confidence intervals for scaling exponents included 1 in
26 out of 57 relationships for the 95% confidence intervals and in
37 out of 57 instances for the 99% confidence intervals, and did
not vary with tree age, density, latitude, or longitude. Our results
were consistent with many previous studies which considered
different forest ecosystems [12,14,21,26].
In the absence of physiological measurements, explanations of
these results may seem to be speculative. But our hypotheses may
promote a mechanistic understanding of biomass partitioning and
influence the design of future experimental studies. One hypothesis
to explain the invariant scaling relationship is that of a
developmental constraint [50–52]. The developments of different
organs are correlated and might limit the ability of each organ to
develop an independent response [20,51]. Size correlation among
different organs may also prohibit plants to respond independently
to environmental variation [52]. Plants may allocate proportion-
ally their annual growth aboveground and belowground with
increasing age and development [21,41] and the partitioning does
not have a significant pattern with geographical locations.
The near isometric relationship between MB and MA may also
be linked to nutrient and water uptake [46,53–54]. The limitation
of water and nutrient uptake by the roots may limit the growth of
aboveground biomass. Gross differences in water availability may
be more regulated by stomatal responses than by adjustments in
biomass allocation [53]. Decline in soil moisture might have
Table 2. Comparison of the scaling exponent and constant estimated by different regression methods.
Group Mean Scaling Exponent Mean Scaling Constant
RMA MAR LSR NLS RMA MAR LSR NLS
All data 0.964 0.963 0.999 1.005 0.274 0.275 1.428 4.592
Age 0.973 0.972 0.986 0.990 0.265 0.267 1.470 4.701
DBH 1.000 1.000 0.956 0.962 0.238 0.238 1.553 5.031
Height 0.984 0.984 0.970 0.975 0.249 0.250 1.528 4.949
Density 1.015 1.019 0.910 0.890 0.223 0.221 1.696 6.109
Latitude 0.986 0.988 0.975 0.978 0.254 0.253 1.508 4.911
Longitude 0.975 0.975 0.990 0.980 0.264 0.264 1.474 4.742
Elevation 0.965 0.964 0.998 1.008 0.273 0.275 1.430 4.491
Mean 0.986 0.986 0.969 0.969 0.252 0.252 1.523 4.991
Isometric relationship 26(46%), 37(65%) 34(60%), 42(74%) 14(24%), 24(42%) 20(35%), 30(53%)
RMA: Reduced major axis regression; MAR: Major axis regression; LSR: Linear regression on log-log transformed data; NLS: Weighted non-linear regression. DBH:
diameter at breast height. The scaling constants for RMA, MAR, and LSR were reverse transformed. For any grouping method, the exponent and constant presented
here is the average of the exponent or constant estimated for each of the 8 categories in that group. Isometric relationship values are the number of times that the 95%
and 99% confidence intervals of scaling exponent estimations, respectively, included 1 (followed by the percentage for each). The total number of scaling exponents
estimated was 57.
doi:10.1371/journal.pone.0086550.t002
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similar effects on plant photosynthesis and nutrient uptake and
result in no allocation adjustment. Over the long term, interannual
variation in precipitation and soil water availability may also even
out the imbalance of growth of belowground and aboveground
and biomass allocation, as root biomass may be enhanced more in
one year while aboveground biomass is enhanced in another year.
Statistically significant variation may also exist in the scaling
exponent, depending on how the data are sorted into different
categories [12]. The scaling exponents indeed increased linearly
with DBH, height and elevation (Fig. 7). The different relation-
ships of the scaling exponent with age and size seem to be
contradictory to each other. However, the difference resulted from
the fact that trees of the same age of different species were different
sizes, so size and age were not closely correlated. Age may not be a
good indicator for species development in mixed species forests.
Tree size (DBH and height) displayed significant influences on the
scaling exponent. The scaling exponent increased with both DBH
and height, indicating that a relatively larger portion of
photosynthate was allocated to belowground biomass in larger
trees than in smaller ones. As for the elevation, trees growing in the
eastern lower elevation regions tend to be smaller than those in the
higher elevation regions, partially due to more frequent harvesting
Figure 7. Relationships between scaling exponent and tree age (a), diameter at breast height (DBH, b), height (c), density (d),
latitude (e), longitude (f), and elevation (g). The scaling exponent of each age, DBH, height, density, latitude, longitude, and elevated group was
estimated using reduce major axis (RMA) regression analysis. The model with the best fit among the linear, quadratic and power function models is
presented. ** significant at a=0.01 level. Error bars are standard errors of the slopes.
doi:10.1371/journal.pone.0086550.g007
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in the lower elevation regions. The scaling exponent increased
with elevation. We also showed that different regression methods
had little influence on the scaling exponent, a conclusion that had
been reached earlier in a study when the correlation coefficient
was large (e.g., r.0.90) [43].
Whereas the scaling exponent of the scaling relationship is
considered as the results of universal physical constraints and
natural selection, the scaling constant of the relationship has been
linked to various taxon-specific or ecological factors [8,21,24,55–
57]. Cheng et al. [58] reported that the scaling constant decreases
with stand age in northern Chinese forests. This study involved a
systematic analysis of both biotic and abiotic factors. Here, we
found that the scaling constant varied with tree size, but not with
tree age, density, latitude, longitude, or elevation (Fig. 8). Smaller
trees had higher scaling constants than larger trees, indicating that
if the scaling exponents are the same, smaller trees would allocate
more carbon belowground. It is worthy of note that the decreases
in the scaling constant with DBH and height more than offset the
positive effect of increases in the scaling exponent, resulting in
overall decreases in root:shoot ratio with DBH and height.
Our analyses of the influence of phylogeny and forest type on
the scaling relationship confirmed that MB scaled isometrically
with MA in 14 of the 15 most abundant families, most phylogeny
groups (e.g., gymnosperms, dicots and monocots), leaf forms, and
Figure 8. Relationships between scaling constant/intercept and tree age (a), diameter at breast height (DBH, b), height (c), density
(d), latitude (e), longitude (f), and elevation (g). The model with the best fit among the linear, quadratic and power function models is
presented. ** significant at a=0.01 level. Error bars are standard errors of the scaling exponents.
doi:10.1371/journal.pone.0086550.g008
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forest origins (i.e. natural and plantation). These results were
comparable to Luo et al. [49] who reported that the scaling
exponent varied from 0.763 to 1.047 among 17 forest species
groups. These results indicated that widely different plant species
are convergent with regard to the allometry of biomass partition-
ing [9,20,21]. While some individual scaling exponents were
significantly different from 1, those that differed were still close to 1
and our results generally support the isometric hypothesis.
As more ecological data accumulate, data synthesis becomes an
important tool to reveal general patterns and ecological rules
[8,11,59]. As in any data synthesis, one must be aware of certain
limitations when interpreting these results. As summarized by
Mokany et al. [32], there are several methodological pitfalls
associated with sampling root biomass in forests. These include
sampling too shallow to capture the majority of roots, lacking of
sampling the root crown of woody plants, and sampling with small
number of replications that resulted in an unreliable estimate of
root biomass [32]. Coarse root biomass estimations of shallow root
species such as spruce and fir were usually more accurate than
those of deep root species. Due to these reasons, MB could be
underestimated and result in a lower root:shoot ratio. Slightly
different sampling methods in individual studies collected in the
database might also add biases to biomass estimation. Despite this,
it is evident that MB is closely related to MA in Chinese forests.
More accurate estimation in MB could improve our understanding
of root biomass and biomass partitioning. Nevertheless, the
relationship developed in this study could be very helpful for the
estimations of root biomass and ecosystem carbon dynamics in
forests. The root:shoot ratios and allometric scaling models for
different families, phylogeny groups and forest types could be used
in ecological modeling. Considering the tree size and other factors
could provide more accurate estimations in forest biomass and
reduce the uncertainty at regional scales.
Conclusions
Using a large forest biomass database, we developed the
allometric scaling relationships between MB and MA and tested
systematically how biotic and abiotic factors would influence their
relationship. We demonstrated that the scaling component did not
vary with tree age, density, latitude or longitude, but varied with
tree size and elevation. The overall small variations of scaling
exponent within each group and among different groups indicated
that MB scaled isometrically or near isometrically with MA. While
fitting a single allometric scaling relationship may be adequate, the
estimation of MB from MA could be improved with size-specific
scaling relationships.
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17. Jackson RB, Schenk HJ, Jobbágy EG, Canadell J, Colello GD, et al. (2000)
Belowground consequences of vegetation change and their treatment in models.
Ecol Appl 10: 470–483.
18. Wolf A, Field CB, Berry JA (2011) Allometric growth and allocation in forests: a
perspective from FLUXNET. Ecol Appl 21: 1546–1556.
19. Huxley JS, Tessier G (1936) Terminology of relative growth. Nature 137: 780–
781.
20. Niklas KJ, Enquist BJ (2001) Invariant scaling relationships for interspecific plant
biomass production rates and body size. Proc Natl Acad Sci U S A 98: 2922–
2927.
21. Enquist BJ, Niklas KJ (2002) Global allocation rules for patterns of biomass
partitioning in seed plants. Science 295: 1517–1520.
22. Niklas KJ (2006) Plant allometry, leaf nitrogen and phosphorus stoichiometry,
and interspecific trends in annual growth rates. Ann Bot 97: 155–163.
23. McCarthy MC, Enquist BJ (2007) Consistency between an allometric approach
and optimal partitioning theory in global patterns of plant biomass allocation.
Funct Ecol 21: 713–720.
24. West GB, Brown JH, Enquist BJ (1999) A general model for the structure, and
allometry of plant vascular systems. Nature 400: 664–667.
25. Niklas KJ, Enquist BJ (2002) Canonical rules for plant organ biomass
partitioning and annual allocation. Am J Bot 89: 812–819.
26. Yang YH, Fang JY, Ji CJ, Han WX (2009) Above- and belowground biomass
allocation in Tibetan grasslands. J Veg Sci 20: 177–184.
27. Li HT, Han XG, Wu JG (2005) Lack of evidence of 3/4 scaling of metabolism in
terrestrial plants. J Integr Plant Biol 47: 1173–1183.
28. Packard GC, Birchard GF (2008) Traditional allometric analysis fails to provide
a valid predictive model for mammalian metabolic rates. J Exp Biol 211: 3581–
3587.
29. Cairns M, Brown S, Helmer E, Baumgardner G (1997) Root biomass allocation
in the world’s upland forests. Oecologia 111: 1–11.
30. Jokela EJ, Martin TA (2000) Effects of ontogeny and soil nutrient supply on
production, allocation, and leaf area efficiency in loblolly and slash pine stands.
Can J For Res 30: 1511–1524.
31. Burkes EC, Will RE, Barron-Gafford GA, Teskey RO, Shiver B (2003) Biomass
partitioning and growth efficiency of intensively managed Pinus taeda and Pinus
elliottii stands of different planting densities. Forest Sci 49: 224–234.
32. Mokany K, Raison RJ, Prokushkin AS (2006) Critical analysis of root:shoot
ratios in terrestrial biomes. Glob Chang Biol 12: 84–96.
33. Tian H, Chen G, Zhang C, Liu M, Sun G, et al. (2012) Century-Scale responses
of ecosystem carbon storage and flux to multiple environmental changes in the
southern United States. Ecosystems 15: 674–694.
34. Santee WR, Monk CD (1981) Stem diameter and dry weight relationships in
Tsuga canadensis (L.) Carr. B Torrey Bot Club: 320–323.
Biomass Partitioning in Chinese Forests
PLOS ONE | www.plosone.org 12 January 2014 | Volume 9 | Issue 1 | e86550
35. Zhou G, Wang Y, Jiang Y, Yang Z (2002) Estimating biomass and net primary
production from forest inventory data: a case study of China’s Larix forests. For
Eco Manage 169: 149–157.
36. Campbell JS, Lieffers VJ, Pielou EC (1985) Regression equations for estimating
single tree biomass of trembling aspen: assessing their applicability to more than
one population. For Eco Manage 11: 283–295.
37. Brown S, Gillespie AJ, Lugo AE (1989) Biomass estimation methods for tropical
forests with applications to forest inventory data. Forest Sci 35: 881–902.
38. Ni J, Zhang X, Scurlock JMO (2001) Synthesis and analysis of biomass and net
primary productivity in Chinese forests. Ann For Sci 58: 351–384.
39. Jenkins JC, Chojnacky DC, Heath LS, Birdsey RA (2003) National-scale
biomass estimators for United States tree species. Forest Sci 49: 12–35.
40. Hui D, Jackson RB (2007) Uncertainty in allometric exponent estimation: a case
study in scaling metabolic rate with body mass. J Theor Biol doi:10.1016/
j.jtbi.2007.07.003.
41. Weiner J (2004) Allocation, plasticity and allometry in plants. Perspect Plant
Ecol Evol Syst 6: 207–215.
42. Clarke MRB (1980) The reduced major axis of a bivariate sample. Biometrika
67: 441–446.
43. McArdle BH, Gaston KJ, Lawton JH (1990) Variation in the size of animal
populations: patterns, problems and artifacts. J Anim Ecol 59: 439–454.
44. Hui D, Jiang C (1996) Practical SAS Usage. Beijing University of Aeronautics &
Astronautics Press, Beijing, China.
45. Davidson RL (1969) Effect of root/leaf temperature differentials on root/shoot
ratios in some pasture grasses and clover. Ann Bot 33: 561–569.
46. Hunt R, Nicholls AO (1986) Stress and the coarse control of growth and root-
shoot partitioning in herbaceous plants. Oikos 47: 149–158.
47. Wang X, Fang J, Zhu B (2008) Forest biomass and root-shoot allocation in
northeast China. For Eco Manage 255: 4007–4020.
48. Leuschner C, Moser G, Bertsch C, Röderstein M, Hertel D (2007) Large
altitudinal increase in tree root/shoot ratio in tropical mountain forests of
Ecuador. Basic Appl Ecol 8: 219–230.
49. Luo Y, Wang X, Zhang X, Booth TH, Lu F (2012) Root:shoot ratios across
China’s forests: Forest type and climatic effects. For Eco Manage 269: 19–25.
50. Pearsall WH (1927) Growth studies. VI. On the relative sizes of growing plant
organs. Ann Bot 41: 549–556.
51. Harvey PH, Pagel MD (1991) The Comparative Method in Evolutionary
Biology. Oxford University Press, New York.
52. Sun S, Jin D, Shi P (2006) The leaf size-twig spectrum of temperate woody
species along an altitudinal gradient: an invariant allometric scaling relationship.
Ann Bot 97: 97–107.
53. McConnaughay KDM, Coleman JS (1999) Biomass allocation in plants:
ontogeny or optimality? A test along three resource gradients. Ecology 80: 2581–
2593.
54. Iwasa Y (2000) Dynamic optimization of plant growth. Evol Ecol Res 1: 437–
455.
55. Daan S, Tinbergen JM (1997) Adaptation of life histories. In: Krebs JR, Davis
NB, editors. Behavioural ecology: an evolutionary approach, 4th edn. Oxford:
Blackwell Scientific. 311–333.
56. Kozlowski J, Konarzewski M, Gawelczyk A (2003) Cell size as a link between
noncoding DNA and metabolic rate scaling. Proc Natl Acad Sci U S A 100:
14080–14085.
57. Glazier DS (2010) A unifying explanation for diverse metabolic scaling in
animals and plants. Biol Rev 85: 111–138.
58. Cheng D, Wang G, Zhong Q (2009) Age-related relationship between annual
productivity and body size of trees, testing the metabolic theory. Pol J Ecol 57:
441–449.
59. Knapp AK, Smith MD, Collins SL, Zambatis N, Peel M, et al. (2004) Generality
in ecology: testing North American grassland rules in South African savannas.
Front Ecol Environ 2: 483–491.
Biomass Partitioning in Chinese Forests
PLOS ONE | www.plosone.org 13 January 2014 | Volume 9 | Issue 1 | e86550
